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The mathematical model is proposed for analysing inputs of horizontal symbiotic (sym) gene transfer
and of interstrain competition in the evolution of nodule bacteria (rhizobia). Evolution of the closed plant-
microbe system is presented as a series of cycles, each cycle includes' a) sym gene transfer from virulent
rhizobia into non-virulent soil bacteria which results in formation of virulent Novel Symbionts (NS); b)
competition between initial virulent rhizobia and NS for nodule formation; c) multiplication of virulent
strains in planta and their release into the soil; d) competition between avirulent soil bacteria and NS for
saprophytic growth ex planta. A recurrent equation is offered to calculate the NS number at each evolution-
ary cycle. With the really allowed parameters of the system its evolution leads to either full forcing out of the
avirulent soil bacteria by NS (when their saprophytic competitiveness is equal) or to an equilibrium between
these strains (when the saprophytic competitiveness is lower in NS than in the avirulent soil bacteria).
Variation of the strains in their ability to compete for the host nodulation may lead to a frequency-dependent
selection of rare genotypes in the rhizobia population. This selection increases not only the heterogeneity of
the rhizobia population but also their panmixia because the rare recombinants can be multiplied in the nod-
ules. Illis may lead to a broad expansion of the sym genes in soil bacterial communities which probably
caused a high taxonomic diversity of rhizobia.

Kny6eHbKoBble GakTepumn (pr3obun) a3oTmKeUpytoLme cUMOMOHTLI 6060BbIX pacTe-
HUIA — YHUKabHaA MoJenb AN pa3paboTKy psga HanpasBfeHWin reHeTUKW, B MEepBYHO ouvepefb
CUMOMOreHETUKN, 3KOMTOTMYECKON U NONYNAUMOHHON reHeTuKkn. Pusobun (pogbl Azorhizobium,
Bradyrhizobium, Rhizobium, Sinorhizobium) — 3T0 (haKynbTaTUBHbIE CUMOWOHTbI, U UX MOMNYy-
NALMK 3aCeNatoT pasHble 3KOMIOMMYECKMe HULWK: MoYBY (FAe OHW CYLLECTBYIOT Kak CcanpoTpodbl)
1 BHYTPEHHIOK Cpefdy PacTeHWiA-x035eB (FAe OHW CYLLECTBYHOT Kak 6uMoTpodbl). UT06bI 3aHATH
3TV HWLWK, pU306UabHbIE LITaMMbl BCTYNalOT B CAOXHbIE B3aVMOAENCTBUA Mexay co6oi, ¢
ApYTMMU MOYBEHHBIMU MWUKPOGaMK, a Takke C pacTeHUAMMU-X03seBamMu. STU B3aUMOLAEWCTBUS
SBNAOTCA 06BEKTOM WHTEHCMBHOIO MOMEKYNAPHO-TEHETUYECKOTO aHann3a, W yXKe BbISB/EH psf
FeHHbIX CUCTEM, KOHTPOAMPYIOLLMX pasBUTUE CUM6OMO3a (Sym-TeHbl), a Takke afjantauuio puso-
61l K HEKOTOPbIM MOYBEHHO-3KOMIOMMYECKUM (hakTopaM. [okasaHo, UTO BbICOKAs NAACTUYHOCTb
CUCTEMbl Sym-reHoB (PeKOMOMHALUMOHHbIE MepPecTPoiKKY, MEepeHOC reHOB MeXay pasHbIMu
LWTaMMamMn) UrpaeT BaKHYHO POSib B 3BOMKOLMUMN CUMOMOTUYECKUX MPU3HAKOB pu3obuin [33, 37].
OfHako NonynsuMoHHbIE MEXaHU3Mbl UX 3BOJIIOLMK, B HYACTHOCTU CEMEKTMBHbIE NPOLLECChl, 06Y-
CNOBMNBAIOLLME U3MEHEHWNSA OpraHM3aLmMmn Sym-reHoB, OCTarTCH Mason3yYeHHbIMM.

© H. A. MNMposopos, H. /1. Bopobbes, 1999
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JvHamMmunueckasi cTpykTypa pr3obuasibHbIX nonynsauuia

MprpoaHble NONYAsSUMU PU306UiA XapaKTepusyroTCa AMHAMUYECKOW CTPYKTYPOW, YTO Bbl-
B UX BbICOKOI reHeTUYEeCKON reTeporeHHOCTM Vi MaHMUKTUYHOCTY.

MeHeTuyeckas reTeporeHHoCTb. yTemM aHanM3a M30(PePMEHTHOrO cocTaBa bblfo rnokasa-

nonynaumMm pu3obuii 60nee NOAMMOPGHLI, YeM MOMYNSUMW APYTUX BakTepuid. 3HadeHve

MHAEeKca reteporeHHocTn [29], Bblumcnsemoro no dopmyne H=( 1-Sp,")m«/(«-1)

YyacToTa BCTPEYaeMoCTW /-ro reHoTuna, 1 — 06beM BblIGOPKM LUTAMMOB), A/ pr306u-

nonynsaumii coctasnseT 0,46-0,93, Torga Kak gns aHTepobaktepuii 0,21-0,52, a ans

NnaToreHoB YXMBOTHbIX K YenoBeka 0,28-0,74.

LUIMPOKMM Pa3MaxoM XapakTepusyeTcs M3MEHYMBOCTb PU30OMIA M0 NpU3HaKam Clrim-
LLiTaMMbl, NpUHagNexalume K o4HOMY BUAY W BbifeNeHHble W3 04HOro obpasua rousbl,
CYLLLECTBEHHO pa3nMyaTbCs N0 BUPYNEHTHOCTU (KOMMYECTBO, pa3Mep, CKOPOCTb 00pasoBa-

K/1y6eHbKOB), a30TUKCUPYIOLLEA aKTUBHOCTM W Jake M0 XO3AWCKOW CcneuuguyHoCcTH
pacTuTeNbHbIX FEHOTUMOB, C KOTOPbIMW BO3MOXHO 06pa3oBaHue cumbuosa). bosee To-
NpYMeHeHe MONYCeNeKTUBHLIX METOLOB BbieNeHUs PU300WiA 13 MOYBbI 0OKasasno, 4To
CNOCO6HbIE K CMMOMO3Y, MPeACTaBNAT NULb BEPXYLUKY “NONYNSAUMOHHOrO aincbep-
noysBax 4acTo npeobnafatoT LTaMMbl, SIMLLIEHHbIE BUPYNEHTHOCTW. Tak, y pr3obuii (a-
etli), obuTaloWmx B noysax MeKCukK, “cnpsTaHHas” (COCTOALAA W3 HEBUPY/IEHTHbLIX

YyacTb nonynsuum coctaensieT 6onee 90% 0T ee 06LeR YncneHHocTn [35].
[aHHble YyKa3blBalOT Ha TO, 4YTO MMEHHO B3aMMOAENCTBME C PacTeHNEM-X03AHOM

06ycnoBMBaeT HOPMUPOBAHME MHOTrOYMC/IEHHbIX PU306MasbHLIX MONYNAUMIA WU ABNSeTCA
NPeAnockIIKON BO3HVKHOBEHMS X FEeHETUYECKOro pasHoobpasua [1, 22, 39]. Hanbo-
NoMMOpHbIe NONYNALUY PU30OWIA 06UTAOT B LIEHTPax NPOVCXOXKAEHNUS COOTBETCTBYIOLLMX
rae Habntofaetca “rnapasnnesibHoe BapbUpOBaHWe” CUMOMOTUYECKUX NapTHe-
Y pu3obuii ropoxa (/2. leguminosarum bv. viceae) MHAEKC reTeporeHHOCTU Mo n3odep-
CMeKTPY COCTaBW/I: ANA LITAMMOB, BblAe/eHHbIX HEMocpeAcTBEHHO 13 noysbl, 0,46,
LUTaMMOB, BblfjefleHHbIX W3 K1y6eHbKOB, 06Pa30BaBLUMXCA MpY BbipaLlyBaHUW ropoxa B Toi
0,57-0,59 [43]. AnuTenbHoe XpaHeHve NouYBbl 6e3 PacTEHUA-X03AMHA PE3KO CHMDKAET
pasHoobpasre nonynsauumn pr3obuin nouepHsl [24].
MaHMUKTUYHOCTb. BbICOKas MaHMUKTUYHOCTL PU300MabHbIX MOMYAALNA BbipaXKaeTcs B
BK/1afle PEKOMBUHAHTHbIX TeHOTUMOB B VX CTPYKTYypy. OHa Obiia rokasaHa nytem aHa-
"HepaBHoBecua no cuenneHno” (linkage disequilibrium) un3odepmeHTHbLIX Mapkepos, a
pasHbIX ansesiei XpOMOCOMHBIX U MAa3MUAHbIX FEHOB. Y CTaHOBMEHO, YTO B MOMY/ALMSX
thaconn 1 KosnaTHMKa 16-30% LUTaMMOB SBASAIUCH B HefaBHEeM MPOLUIOM [LOHOpamMu
peuvnuTeHTamy nnasmug, [41].
Hanbosblias NnaHMUKTUYHOCTL (OTCYTCTBME “HepaBHOBECUS MO CLEMNSIEHWNIO”) BbISBISETCS
aHasm3e NonynAaumMiA, COCTOALMX U3 FreHETUYECKM POACTBEHHbIX LWTaMmoB [20, 28], 4TO mo-
ObITh CBS3aHO Kak C BbICOKOI 4acTOTON nepeHoca Mexay HUMW reHOB, TaK W C BbICOKOW CTa-
BO3HMKAIOLLMX PEKOMOUHAHTOB. OfHAKO NepeHOC reHOB BO3MOXEH U Mexy 0Tha-
chopmamn pu3o6uii, a PEKOMOMHAHTbI, CMOCOGHbIE (hOPMUPOBATL KYOEHLKY Ha KOp-
6000BbIX, yAaBaOCh NOMyYaTb MpU NepeHoce 3y/W-TeHOB [axXe B TakKue HepOCTBEHHbIE pu-
b6akTepun, Kak Escherichia, Lignobacter, Pseudomonas, Sphingobacterium [18, 21,31].
MHorue faHHble YKa3blBatOT Ha TO, YTO BbICOKas MAHMUKTUYHOCTb PU306UasIbHBIX MOy s-
SB/SIETCS PE3YNbTaTOM MX B3aMMOAENCTBUA C PacTEHUAMMU-X03feBaMu. ITO [0KasbiBaeTCs
4TO: @) “HepaBHOBECKE MO CLEM/EHNI0” (KOTOPOe FOBOPUT 0 Manoli MaHMUKTUYHOCTY Mony-
XapaKTepHO AN LUTaMMOB pu306uiA R. etli, BblAENEHHbIX W3 PasHbIX PacTeHWiA, HO He
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NPOSBNSETCS Y LUTAMMOB, BblfiefleHHbIX U3 OLHOrO0 U TOro e pacteHus [36]; 6) B nonynauusax R.
leguminosarum KOMGVHMPOBaHME XPOMOCOMHbIX MapKePOB C “CUMOMOTUUYECKMMI™ NasMuaamm
3HaUUTENbHO BMdKe K CyyaiiHOMY, YeM KOMOWHMPOBaHWE C “HeCMMOMOTUYECKUMUK” NiasMuia-
mu [26].

He BbI3bIBaET COMHEHWiA, UTO AUHAMMUYECKas CTPYKTypa Nonynsauuin B 3HaUMTeNbHONW cTene-
HU CBfi3aHa C BbICOKOW NAaCTUYHOCTHLIO PU306MANbHOr0 reHoMa, KOTOpblii COAEPXUT Heobblyali-
HO OGonblloe (4nA NPOKapuoT) 4YMCAO MOBTOPAIOLWMXCH nocnefosaTensHocTed AHK u IS
3/IEMEHTOB. Y MHOMMX LUTAMMOB BbIIB/IEHbI TAK Ha3bIBAEMbIE “aMMIMKOHbLI” 1 “CUMBUOTUYECKME
OCTPOBKMK” [lOCTAaTOYHO MPOTSHKEHHbIE yYacTkM reHoma (60-500 Thic. N. H.), hiaHKUpPOBaH-
Hble nosTopamu OHK, KoTopble MOFYT C BbICOKO YaCTOTON MEHSATb CBOK KOMWUMHOCTb, SIOKaIu-
3auuto B reHoMe, a TakxKe NepeHoCUTLC MeXay pasHbiMu WwTammamuy [27, 30, 37]. BaxHO oTMe-
TUTb, 4YTO HaubonbLIad NNaCTUYHOCTbL XapakTepHa A8 Y4aCTKOB pU306MasibHOro reHoma, KoTo-
pble cogepXXaT “CUMMOUOTUYECKME” TEHbI.

3TN haKTbl MOFYT B 3HAYMTENbHON CTEMEHN OOBLACHUTL BLICOKUIA MOAMMOPGN3M pr306u-
a/bHbIX NOMNYNAUMIA, O4HAKO SIBHO HefOCTaTOUHbl A1 OO6BACHEHWUS WX BbICOKOW NMaHMWUKTUYHO-
cTu. MapafoKcanbHOCTb CUTYaLUMU 3aK/0YaeTcs B TOM, YTO K/yOeHbKOBble 6akTepun MULLEHbI
CO6CTBEHHBIX 3(NEKTUBHBIX CUCTEM MEPeHOca reHoB. Y HEKOTOPbIX LUTAMMOB BbISB/IEHbl KOHb-
toraTuMBHble NAa3MuAabl, OAHAKO OHM MEPEHOCATCS C HWU3KOM yacToToi (He 6onee 10 -KI6 Ha
PELMMUEHT) 1 NILLb B PEAKUX Cly4vasxX OCYLLECTBAAIOT MOOUIU3ALMIO APYTUX PEM/IMKOHOB. d-
(heKTMBHbIE CUCTEMbI MepeHoca reHoB (F, R-hakTopbl) ecTb Y 3HTepo6aKTepuii, HO UX Nonyns-
LMK NOYTK BCErga UMeKT KIOHANbHYIO0 CTPYKTYpPY [28]. PaspelumTb 3TOT Napagoke MOXHO, eCiu
NPesnonoXuTb, YTO B PU30BUaIbHBIX MONYNAUMSX, B3aUMOLEMCTBYIOLWMX C pacTeHUsMU, OeAcT-
BYIOT CE/MIeKTUBHbIE MeXaHW3Mbl, KOTOpble 06ecrneymBatoT MPeMMYLLECTBEHHOE pPasMHOXeHWe
pefKO BO3HMKAIOLLMX PEKOMOUHAHTHBIX K/IOHOB.

Pa3MHOXeHe peaknx reHoTUMNoB B pn3obunasibHOl nonynsiumn, B3auMoaeicT-
BYIOLLIEN C pacTeHUEM-XO35IMHOM

K HacTosiLeMy BPeMeHU HaKOMNEHO MHOMO AaHHbIX 0 AVHAMUKE OTAEMbHbIX FeHeTUYEeCKMX
npoueccoB (BO3HWKHOBEHWE MYTAHTOB, MEPEHOC FeHOB, AeicTBMe (hakTopoB OT6Opa) B nonyns-
LMsx pu3obumin. OgHaKo co3faHue aKCMepUMEHTaIbHbIX CUCTEM, B KOTOPbIX BO3MOXHO OLHOBpe-
MEHHOE M3y4eHue BCero KOMeKca STMX MpoLeccoB, HeobXoauMoe AN NOCTPOEHWS LeOCTHON
KapTWUHbI MWUKPO3BOMIOLUN PU306WIA, He MNPeLCcTaBiseTcsl BO3MOXHbIM. Takas KapTuHa MOXeT
6bITb MOMy4YeHa B pesy/bTaTe MaTemMaTUyeCKOro MOAENMpoBaHWs Hambonee BaXKHbIX reHeTude-
CKMX MpPOLEeCcCcoB, OMpeAensowmx nonynsuMoOHHYI0 AMHaMUKY pu306uiA, a MMEeHHO nepeHoca
Sjm-reHoB 1 AelicTBus hakTopoB 0T6opa.

OT60p B pM306MasbHBIX MOMY/ALMUSX OCYLLECTBASETCH B X04e MEXLITAMMOBON KOHKYPEH-
LK, KoTopas MpOUCXOAWT B ABYX OCHOBHbIX (DOpMax: canpoduTHas KOHKYpeHUMs (3a KONOHU-
3aUMI0 MOYBbI) U HOAYNALMOHHAS KOHKYpeHuus (3a obpasoBaHme KnybeHbKoB). Mebi [5, 6] co3pa-
NN MOAENb MUKPO3BOJIIOLMOHHBIX MPOLECCOB B MpocTeileli MUKPOBHO-pacTUTENLHOW CUCTEME.
JTa cucTeMa BK/HOYaeT credytolye KOMMOHeHTbl (puc. 1, J1): CMMOMOTUYECKN aKTUBHbINA
LUTaMM, KOTOpbIi cnocobeH (hopMmMpoBaTb Yy PacTeHUn KyO6eHbKU (MCXOAHbIA CUMOUOHT, WK
MC); cMMBNOTUYECKN HEAKTMBHBbIN LUTaMM, KOTOPbIA He (DOPMUPYET KNy6eHbKOB, O4HAKO MOXET
npuobpeTatb 3Ty CNOCOBHOCTL Moc/e nepeHoca sym-reHoB U3 NC (3T0 MOXET ObiTb 1160 aBu-
PYNEHTHbIA WTaMM pu3o6uid, Mo canpomTHas NoYBeHHas GaKTepus; Ha30BEM €ro aBMpPY/EHT-
HOW MecCTHOW GakTepueir, uin AMB). CUMOMOTUYECKN aKTWMBHble GaKTepuuW, BO3HMKAOLLME B
pe3ynbTaTte nepeHoca 3y/n-reHos u3 IC 8 AMB, HasoBeM HOBbIM cumbunoHTom (HC). Kpome To-
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pacTeHne-X034MH, KOTOPOEe WMHOKY/NMPYeTCH BUPYNEHTHbIMU LUTaMMaMm
yto HC 1 AMB cOCTaBnAalT eANHYIO MOMNYNALUK0 N30TEHHbIX Me-
YMC/IEHHOCTb KOTOPbIX MOCTOAHHA. 3Ta MOMynAauns U ectb 3BOHOLMOHM-

C» YTO MUKPO3BOJIOLMSI CUCTEMbI HOCUT LIMKIMYECKUIA XapaKTep, KOTo-
KN3HEHHbIE UMKMbI pacTeHus-xo3suHa (puc. 1, B). Mpu aTOM cumMTaem, yTo cuc-

>KHa ee OCHOBHbIE MapameTpbl MGO He MEHSIHOTCA OT LKA K LMKy (o6Liee umcnio
*/TyanK3XC: GakTepuii, BbIXOAALWWMX B MOYBY M3 KaXAOro Kny6eHbKa; YacToTa nepeHoca

ME). M60 Noc/ie OKOHYaHWS KaX4oro LMK/ia BO3BPALLAOTCS K MCXOAHOMY YPOB-
", C 1 MB).

1. Mogenb UMKINYECKUX MUKPOIBOJIIOLIMOHHbBIX MPOLLECCOB B CUCTEME “GaKTepI/IVI-paCTeHVIe-
[5:

OCHOBHbIE KOMIMOHEHTbI MO,CI,EI'II/IpyeMOVI CUCTeMbl; /> — MocnesoBaTe/lbHOCTb COBLITWIA B MWUKPO3BO/IIOLNOHHOM LNKne

CyLlecTBEHHbIM B MOAENN SIBASIETCS TO, YTO B MPUCYTCTBUM PAaCcTEHUS-X035IMHA KOHKYPEHT-
6opbba B PU306MabHLIX MOMYNSLUMAX Pe3KO YCUNMBAETCs, TaK Kak BCTymaeT B felicTBue
KOHKYPEHLMM MeXAy LuTaMMaMmy 3a 06pa3oBaHue Kly6eHbKOB, a TakkKe 06OCTpseTcs
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canpotmTHas KOHKYPEHLMA Mexay LITaMMamu, HaxOAsLMMMUCS B NOYBE U OCBOGOXAAEMbIMMU ¢
Hee Npy OTMUpaHUK Ky6eHbKOB. [ TOro, 4Tobbl MPOAaHaNM3NPOBaThL CENEKTUBHOE AelicTBUe
KaKAOro W3 3TUX TUMOB KOHKYPEHLUWM Mbl MPESNONOXNUIM, YTO OHW OCYLLECTBAAIOTCS MEX.)
pasHbIMX LUTaMMaMK: canpouTHas KOHKypeHuus — mexay HC u AMB, a HoaynsuuoHHas
KOHKYpeHLumsa — mexay HC n UC.

Ba)XHO OTMETUTb, YTO BCE OCHOBHble COBbLITUS, BKIOYEHHbIE B Hally MOZENb, JOCTATOYHC
NnoApo6HO M3yyeHbl B 1a60PATOPHbLIX UK MOMEBbIX OMNblTaxX, ¥ MO3TOMY Mbl UMEEM BO3MOXHOCTE
MOAENMPoBaTb MOMYNALMOHHbIE MPOLECChl, MPUBAMXKEHHbIE K NPUPOAHbLIM npoueccaM. Okasa-
JIOCb, YTO NPU peasibHO JOMYCTUMbIX 3HAYEHUAX MapameTPOB CUCTEMbI €e 3BO/IOLMSA, KaK Mnpasu-
no, 3aKkaHumBaeTcs Tem, Yto HC nonHocTbio BbiTecHsieT AMB (puc. 2). K Takomy pesynbTaTy
cucTema npuUxoamT B TOM ciyyae, korga HC no HooynsuMOHHOM KOHKYPEeHTOCMOCOBHOCTU pas-
Hbl MIC, a no canpogmTHOA KOHKYPEHTOCMNOCOGHOCTU paBHbl AMB. ECnn e KOHKYpeHTOoCMno-
COGHOCTb LUTAMMOB pa3Hasi, TO UCXO0J, 3BO/IOLMN CUCTEMbI MOXET ObITb UHbIM.

Puc. 2. BbITecHeHWe HOBbIMW cuM6BUOHTamMn (HC) aBMpyneHTHbIX
MeCTHbIX  GakTepuin  (AMB) npu uX paBHOW  canpoUTHON
KOHKYpeHTOoCcnoco6HocTu [5]

Tak, paznmuna HC n AMbB no canpoduTHOW KOHKYPEHTOCMOCOBHOCTU MOTYyT 06ycnaBnn-
BaTb (DOPMMPOBaHME MOAMMOPGHBLIX MOMYNAAUMA, U B YAaCTHOCTM — MOAAEPXKaHUe B HUX 6O/b-
LUOro KO/MMYecTBa CMMOMOTUYECKM HeaKTMBHbIX LWTaMMOB (puc. 3). BbicOKas BbDKMBaeMOCTE
(ckopocTb pasMHOXeHMs1) AMB MOXET ObITb CBfi3aHa C OTCYTCTBMEM YY/WU-TEHOB, He HY>XHbIX 14
canpouTHOro pocta. Takoe AOMNyLLeHWE BMOSHE ONpaBAaHO, TaK Kak MpUCYTCTBME FEHOB, XK
HY>XHbIX A1 CanpogMTHOro pocTa 6aKTepuid, 06bIYHO CHIDKAET ero ckopocTb [7, 14]. Vmetotcs
MHOrOYUCNEHHbIE JaHHble 0 TOM, YTO CUMOMOTUYECKM aKTMBHbIE LUTaMMbl PU300UiA ycTynato!
Mo canpoUTHOM KOHKYPEHTOCMOCOOHOCTM HeaKTUBHbIM WTammaMm [33].

Ewe 60MbLyt0 posb B (HOPMUPOBAHUM CTPYKTYPbl PU306MasbHOM NONynsuuM Urpaet KoH-
KypeHums 3a obpasoBaHue K/y6eHbKOB. SMMMPUYECKU OblNo MokasaHo [9], YTO KOHKypeHLuus
MeXay ABYMS BUPYNEHTHbIMU LWTamMamu (1 1 2), MOXeT ObITb OnuncaHa ypaBHeHWEM

KUK, = ¢ (V17"
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Puc. 3. YcTaHOBNeHMe paBHOBECUA MeXAy HOBbIMM cuMbuoHTamn (HC) n aBupyneHT-
HbIMW MeCTHbIMW 6akTepusamn (AMB) Npy CHUXKEHHOW Canpo(UTHON KOHKYPEHTOCMO-
cobHocTn HC [6]

1 K2 — KonnuecTBa K1y6eHbKOB, cogepkawmx wrammbl 1 v 2; Nt u .\'2 — Konmuectsa
LUTaMMOB B MHOKY/IIOME; @ U C — NOCTOSAHHbIe (6e3pa3MepHbIe) napameTpbl.
AHanm3 pa3nnyHbIX 6060B0-pPU306UANIbHBIX CUCTEM MOKasa/l, YTO NapaMeTp ¢ MOXET 6bITb
60nbLUe, TaK 1 MeHbLUe 1, a napameTp a Bcerga MeHblwe 1 [9, W, 19, 25, 40]. HeTpygHo Bu-
yto ecnm JIPJTY TO MNpM “TUNMYHLIX” 3Ha4YeHMAX napaMeTpoB (a<l; c=1) BbINOMHSAETCS

Puc. 4. PasmHOXeHVe peakoro (2) BMPY/NEHTHOro LUTaMma B MONynAauMn Ky6eHbKo-
BbIX 6aKTepuii B npoLecce KOHKYpPeHUUW ¢ AOMUHUpYoWwmm (7) wtammMom 3a o6paso-
BaHWe Knyb6eHbKoB [6]

HepaBeHCTBO KMKj>N\IN2, T. €. BO3MOXHOCTb MPEMMYLLECTBEHHOTO Pa3MHOXeHWs in planta
EOTYYaloT LWITaMMbl, PEAKO BCTPEeYatoLimecs B nouse. Hampumep, LITaMM, COCTaB/ISIIOLLMIA BCEro

29



10 5 OT YMCneHHOCTN nonynsauMK, Npu BenmumHe <7=0,2 6yaeT opmuposaTb 10% Kny6eHbKOB.
Ecnu Mbl yuTeM 3Ty 3aBMCMMOCTb B Halllell MOAEeNM, TO BO3HMKAET KapTUHA BbIPaBHUBaHWS YuUC-
NEHHOCTEN JOMUHMPYIOLLEr0 M PeLKOro LUTaMMOB B pM306ManbHON Monynsumu, B3aMMOAeincT-
BYHOLLE C pacTeHMeM (puc. 4).

Posb yacTtoTo3aBMCMMOro oT60pa B MUKPO-
¥ MakKpo3aBoOJIHOLUN pU306uii

TaknuMm 06pa3om, pesy/bTaTOM MEXLUTaMMOBOM KOHKYPEHLMW, MPOUCXOAsLLEe B pU306tm-
abHOM nonynAuuyM Npy B3aUMOLENCTBUM C XO3AWHOM, fBSETCS pasMHOXeHue peako BCTpe-
YaroLWMXCst FTeHOTUMOB, T. €. MX YacToTo3aBMcUMbIn oT6op (frequency dependent selection). 3T1a
thopma 0T6Opa LUMPOKO pacrnpocTpaHeHa B Mpupofe: OHa 06ecrneymBaeT CeNeKTUBHbIE MPenMy-
LLecTBa PeAKMX FeHOTWUMOB fJaXe B TeX CMy4asX, KOrfa OHW He 06/1aAaloT MOBbILLEHHOW CKOPO-
CTbO Pa3MHOXEHMS, YTO CNOCOGCTBYET NOAAEPXKAHMIO nonnMopgusma nonynsuuii [3].

JelicTBre 4acToTO3aBMCMMOro 0T60pa B NONYNAUMUAX PU30OMIA MOXKET MMETb BadKHble MO-
CNeACTBUS Kak [ MUKPO3BOMOLUK, TaK U ANS MaKpO3BOOLMKM 3TuX 6akTepuid. Hanbonee aB-
HbIM €ro pesy/nbTaTOM ABMSETCA MOBbILIEHWE FeTEePOreHHOCTU PYU300ManbHbIX MOMYyNAUUA npy
B3aVIMOAENCTBUM C PacTEHUSAMU-X035€BaMU, YTO BbIIO SMMMPUYECKM MOKa3aHOo B page pabor [1,
22, 43]. OfHaKO MWUKPO3BOMOLMOHHbIE MOCNEACTBUS YaCTOTO3aBUCMMOro oTbopa MOryT 6bITh |
6onee WMPOKUMKN. [elACTBUTENbHO, PeAKMMM FeHOTUMNaMuK, KOTOpble B pe3ynbTaTe B3aMMOLEencT-
BUsA BaKTepuii ¢ pacTeHMEM PasMHOXAKOTCA B MOMyNAUUM, MOTYT ObITb:

— WTaMMbl “AMKOr0 TUMNA”, BbDKMBAEMOCTb KOTOPbLIX B MOYBE HW3Ka (M3-3a YyBCTBUTENb-
HOCTU K JeliCTBUIO He6naronpusaTHbIX abUoTUYECKUX (hakTopoB);

— MyTaHTbl LWTamMMOB “AMKOro Tuna”;

— PeKOMOVHaHTbI, BO3HMKAOLWME MPU NepeHoce YY/U-TeHOB MeXJy BUPYIEHTHbIMU LUTaM-
MamMu pu306Uin MK Xxe u3 pr3obuii B HEPOACTBEHHbIE UM BaKTepuu.

Takvm 06pa3oMm, 4acTOTO3aBUCUMbIA OTOOP MOXET 06YCNOBUTb He TOMbKO BbICOKWIA MOW-
MOPU3M pU306UIbHBLIX NOMYAALUUA, HO U WX BbICOKYIO MaHMUKTUYHOCTb. [MOcnefHss, MOxe3
ObITb pe3ynbTaTOM TOro, YTO pefko obpasyrolimecs PeKOMOMHaHTbI MOyYakT BO3MOXHOCTb
pasMHOXeHUA B NONynAuuKM 6akTepuid, B3aMMOLEWCTBYIOLWLMX C pacTeHusMU. CBsi3b BbICOKON
NaHMUKTUYHOCTM C CUMBUOTUYECKON CTagneld XXM3HEHHOrO LMKIa MPOCIEXMUBaeTCa A1S LIMpOo-
KOro Kpyra MMWKPOOpPraHusmoB. Tak, And 60/e3HeTBOPHbIX 3HTepobakTepuii (Escherichia,
Salmonella) NoKa3aHa BbICOKass MHTEHCMBHOCTb MepeHoca reHoB, KOHTPONPYHOLLMX NaTOreHHble
ceorictBa [10, 15], xoTa MOMynALMOHHAsA CTPYKTypa, onpefensemas nyTeM aHanmsa usodgep-
MEHTHbIX MapKepOoB, Y 3TMX MUKPOOOB SIBNSIETCS CTPOro KioHasibHOWM [28]. CBOGOAHOE KOMOW-
HMPOBaHWe pa3uyHbIX anneneit rbcLX u 16S pPHK 6bi10 BbIABNEHO Y LmaHobakTepuidi Nostoc
L1 KOTOPbIX BECbMa XapaKTepHO BCTYM/jeHWe B CMMOMO3 C HA3eMHbIMU PacTeHUSIMW, HO He Bbl-
SIBNEHO AN APYruX LmaHobakTepuid (Microcystis, Planktotrix, Tychonema), He BCTyMnarOLiMX B
cumo6uno3s [34].

Ham npefcTaBnsieTcs, YTO 4acTOTO3aBUCUMBIA OTGOP MrpaeT BaXXHYH) POSib He TOMbKO B
thopMUpoBaHUM NONYNALNOHHOW CTPYKTYpPbI, HO U B MaKPO3BOMOLMM pU306MIA. OH MOXET 6biTh
NPUYMHON LLIMPOKOW 3KCMaHCWMK 3yaa-reHoB B MPUPOAHbLIX GaKTepuasibHbIX COO6LLEeCcTBaX, KOTO-
pasi, no BCe BUAMMOCTU, NpmBena K (hopMMpPOBaHNIO OFPOMHOr0 TaKCOHOMUYECKOIO pasHoobpa-
31A pr3obuin. Jeno B TOM, YTO pU306UM — 3TO MOAUPUIETUYHBIE MO NMPOUCXOXAEHWNIO GakTe-
pvn. AHanm3 reHoB 16S pPHK nokasan, 4To MX OCHOBHble Tpynnbl (pogbl Azorhizobium
Bradyrhizobium, Rhizobium, Sinorhizobium) AvMBeprupoBan 0T TMNOTETUYECKOTO “06LIEro
npeaka” 3afonro A0 nosisfieHns 6060BbIX pacTeHWii-xo35ieB [44]. B TO e Bpemsi BbISBNEH PAj
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(sym) FeHoB, CTPYKTYPHO FOMOMIOrMYHbIX 1 (DYHKLOHAIBHO B3avMO-
BCceX (hopMm pu306uid (310 “06LLME™ TeHbl BUPYNEHTHOCTU, KOTOPbLIE KOAMPYHOT
vact Nod-thakTopa, a Takxe psfj reHoB, KOHTPOUPYHOLUMX CUHTE3 MoBepxHO-
/I PETYNALMIO CMMBMOTUYECKON a30TgmKcaumm). Y CBOBOAHOXMBYLLUMX OaKTe-
; TEHbl OTCYTCTBYHT. [M03TOMY Ha/uuue “obux” Syw-reHoB y HepOLCTBEHHbLIX (DOPM
ObITb OOBACHEHO MHaYe Kak Tem, YTO 3TV TeHbl, NepBOHAYa/lbHO BO3HUKHYB Y
pv306UiA, NepeHoOCHMINCL MeXAY pasHbIMU GakTepusMU B NpOLEcce UX KO-
PacTEHNAMU-X035eBaAMM.
OTMETUTb, OMUCAHHbIA MeXaHW3M OMocpeOBaHHOI0 XO3IMHOM MOBbILUEHWS MOMNy-
N3MEHYMBOCTY CUMOMOTUYECKMNX GAaKTEPUIA ABNSAETCA AEKO He eAWHCTBEHHbIM. Ha-
CTUMYNALMA pacTeHMeM MepeHoca reHoB MeXay LuTamMamy pu3obuit, Haxo-
e =~k pysocgepe unn B KnybeHbkax [8, 17, 32]. MNMpebbiBaHve B OpraHnM3mMe Xo3suHa ABNs-
(hakTOpoM Ans Lenoro psga aHA0CUMMOMOTUYECKMX MUKPO6OB. 3TO 6bIIO Teo-
npesckasaHo M. Kumypoin 6onee 30 neT Hasag [23], 3aTeM 3KCMeprMMEHTa/IbHO MOKa-
MaToreHoOB XXMBOTHbIX W pacTeHnid [12, 16, 38]; npefaBapuTe/bHbIE AaHHbIE VMe-
ca przobuin [2, 42].
0T60p B PU306MaNbHLIX NOMYNAUMAX MUMEET W CYLLECTBEHHOe MpaKTu-
Bo-nepBbIX, OH MOXET ObITb WUCMONL30BaH [/ BbIABNEHNSA BbICOKOAKTUBHBLIX
BCTPEYaeMOCTb KOTOPbIX B NONYNAUMAX HMU3KA. [ns Noucka TakMx LUTaMMOB O6bIYHO
nonynsauun pu3obuii, BbILENSAEMbIX U3 KNyGeHbKOB, MpUYeM BCTPEYAEMOCTb BbICO-
LUTaMMOB MOXET BO3pacTaTb MpW WCMOMb30BaHUW CMeLUMaIbHbIX  “pacTeHuiA-
CMOCOGHbLIX HamnpasfieHHO OTOMPaTb UX W3 reTeporeHHON MoyBeHHON nonynsaumun [4].
[eiicTBME YaCTOTO3aBMCUMOrO 0T60pa AO/MKHO YUMTbIBATLCA MPU MUCMO/b30BAHWM
LUTaMMOB pPU306UiA, TaK Kak PEKOMOWMHAHTbI, KOTOPble MOMYT BO3HMKATb Mpu
3TMX LITaMMOB C abOpUreHHOW MWKPOQIOPON, B ONpefeNieHHbIX YCI0BUAX
ObICTPO Pa3MHOXATbCS B MUKPOOHO-PACTUTENbHBIX CUCTEMAX.
YTO YaCTOTO3aBUCKMbIA OTOOP OCYLLECTBASETCA MPU Pa3IMUHbIX MEXOpraHus-
B3aMMOAENCTBUAX B CUCTEMAX “‘NapasnT-Xo3sMH”, “XULLHUK-XEpPTBA”, a Takke npu
KOHKYPEHLUMM 3a nuTaTeflbHble CybCcTpaTbl MW 3a MonoBoro naptHepa [3]. B
cucTemax ata hopma otbopa 00yCMOBMMBAET MOBbLILLIEHNE YACTOT PeAKO BCTpe-
annenein yctoiumBocTn (y X03aMHA) U BUPYNEHTHOCTM (Y MapasuTa), YTO Bbi3blBaeT
N3MEHEHNA TeHETUYECKOW CTPYKTYpPbl CMCTEMbI “NapasuT-xo3suH”. Tpu ycnosum
KOHTPONSA MPU3HAKOB YCTOWUMBOCTM U BUPYNEHTHOCTW Takue WM3MeHeHusi obecre-
MOCTOSIHHBIA OTOOP B MOMb3Y PEKOMOUHAHTHLIX reHoTunos [13], 4To, NO-BMAMMOMY,
BaXHbIM (HaKTOPOM, 06YCNOB/MBAIOLLVM BbICOKYH) WHTEHCUMBHOCTbL MOJOBbLIX MpoLiec-
NonynauMax nNapasmTUYecKmx OpraHn3MoB, T.e. UX BbICOKYHO MaHMUKTUYHOCTb.
obpas3om, [eiicTBME YaCTOTO3aBUCMMOro OTOOpa B PY30OManbHbIX NONYNAUUSAX
C/yy4ail BaXXHOIO 3KOJ/I0r0-reHeTUUECKOro (DeHOMEeHa — MOBLILLEHWUS MOMYASLMOHHOIO
MWKPOOO0B, BCTYNatoLMX B CUMOMO3 C BbICLUMMMK OpraHuaMamu. K HacToswemy
HaKOMEHO MHOTMO JaHHbIX B MOMb3Y TOro, YTO B3aVMOZENCTBUSA C X035eBaMn 00YCNoB-
BbICOKYI0 MYTaUMOHHYIKO W PEKOMOMHALMOHHYIO M3MEHUYMBOCTb, a TaKkXkKe CeNneKTUBHble
KOTOpble onpefenstoT Ype3BblUaiHO AUHAMUYHYIO CTPYKTYpY MOMYNALMA MUKPO-
3Tn npoueccbl 06ecneynBaloT MOBbILLEHNE MOAMMOPEHU3MA U MAHMUKTUYHOCTM
Nonynsaunin, WHTEHCU(ULMPYIOT MPOUCXOAALLME B HUX MpoLuecchl 0T6opa U, Kak
CTUMYNUPYIOT 3BO/IIOLMIO CUMBUOTUYECKUX CUCTEM.
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